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Glacial/interglacial dynamics during the Quaternary were suggested to be mainly driven by
obliquity (41-kyr periodicity), including irregularities during the last 1 Myr that resulted in on
average 100-kyr cycles. Here, we investigate this so-called Mid-Pleistocene Transition via
model-based deconvolution of benthic δ18O, redefining interglacials by lack of substantial
northern hemispheric land ice outside of Greenland. We find that in 67%, 88% and 52% of
the obliquity cycles during the early, middle and late Quaternary, respectively, a glacial
termination is realized leading to irregular appearances of new interglacials during various
parts of the last 2.6 Myr. This finding suggests that the proposed idea of terminations leading
to new interglacials in the Quaternary as obliquity driven with growing influence of land ice
volume on the timing of deglaciations during the last 1 Myr might be too simple. Alternatively,
the land ice-based definition of interglacials needs revision if applied to the entire Quaternary.
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Changes in Earth’s orbit are understood to be the funda-mental reasons for the ice age dynamics during the Qua-ternary1–3. However, orbital theory alone cannot explain
the reconstructed evolution from a 41-kyr dominated glacial
cyclicity earlier in the Quaternary towards a 100-kyr periodicity
during the last 1 Myr4,5. For an explanation of this so-called Mid-
Pleistocene Transition (MPT), feedbacks in the climate system
have to be considered. Prominent candidates of those feedbacks
are land ice dynamics6,7, possible driven by regolith removal8,9
and the gradual decline in atmospheric CO2 concentrations
during glacial minima10–12. Hypotheses to explain this MPT
have been the subject of many studies throughout the last four
decades6,8,9,13–26. One of the most recent approaches to explain
the observed pattern during the MPT24 (T17 in the following)
developed a simple rule by which the onset of new interglacial
periods during the last 2.6 Myr are identified based on caloric
summer half-year insolation at 65°N, whereby it assumes that
deglaciations (melting of land ice) mainly depend on local sum-
mer insolation. In this concept, the amount of energy necessary to
trigger a deglaciation which leads into an interglacial decreases
with the amount of time since the previous deglaciation as it is
assumed in T17 that ice-sheet instability increases with time.
In T17, interglacials across the whole Quaternary are defined
by passing thresholds in the detrended benthic LR04 δ18O stack4,
including some tests of these methods with alternative benthic
δ18O records. This definition of interglacials agrees for the last
800 kyr with findings of a more rigorous community effort27
based on the analysis of various climate variables. As consequence
of this new definition of interglacials24, no regular 100-kyr peri-
odicity of interglacials occurs after the MPT. Instead, during th-
e last ~1 Myr, the regular appearance of interglacials every 41-kyr
following the pacing of obliquity before the MPT is replaced
by an irregular appearance of interglacials with ~80-kyr or
~120-kyr cyclicity of interglacials (Fig. 1). This finding of irre-
gular interglacials is very similar to a concept20 of an increasing
number of skipped obliquity-driven terminations over time.
Other studies tried to explain the MPT from a more enhanced
glaciological perspective6,8,9,28. One study6 deconvolved the same
benthic δ18O stack4 used in T17 into its sea level and temperature
components by applying physically consistent 3-D land ice
models and came up with the simulated temporal evolution of
land ice distribution. They concluded that after the MPT the
longer glacial cycles with larger amplitudes in sea-level change
seemed to be controlled by North American land ice dynamics:
when growing to a certain size, the Laurentide and Corrdilleran
ice sheets merge to a single dome, which supports thicker ice
sheets. At the same time the thicker ice leads to a decoupling of
the temperature at the ice surface and ice base. This results in a
larger fraction of the ice sheet to be at pressure-melting point and
allows sliding of the ice over the bed and facilitating the degla-
ciation of the North American ice-sheet complex.
While those hypotheses mainly based on orbital theory19,20,24
were very successful in defining a rule by which deglaciations or
interglacials might have been triggered, they had only little
emphasis on the details of the glaciations, even though the land
ice albedo feedback on climate is probably essential to understand
the MPT. Changes in ice volume or global mean sea level—
necessary to define interglacial periods—were approximated from
deep ocean δ18O or simple equations20,24, but seldom considered
in more detail. This reduction in land ice complexity is also
underlying the restriction of most orbital theories to an in-depth
analysis of a single latitude, mainly 65°N.
In the following, we will analyse land ice dynamics obtained
in the framework of the inverse deconvolution of the LR04 δ18O
stack6,29. Although our ice dynamics are the outcome of a 3-D
land ice model, we understand them to be more a model-based
interpretation of proxy data rather than a fully independent
simulation. We apply the absence of substantial northern
hemispheric land ice outside Greenland as a criterion for the
definition of interglacials across the Quaternary. When applied
for the last 800 kyr this definition has been shown27 to be
robust against a range of definitions and thresholds. Our ana-
lysis avoids a discussion of benefits and shortcomings of the
various insolation metrics (e.g., the local northern summer
insolation intensity14, the integrated summer insolation19, or
caloric summer half-year insolation24). The latitudinal dis-
tribution of land ice across the northern hemisphere would
need to include insolation at all latitudes and, if investigated
within an energy balance scheme30, across the full year. Our
findings will be discussed in the light of uncertainties and
available independent evidences, including the role of atmo-
spheric CO2 concentration. We find that the glacial/interglacial
amplitudes of northern hemisphere land ice variability outside
of Greenland are much smaller prior to than after the MPT. At
the same time the contributions from deep ocean temperature
and ice volume in Antarctica and Greenland to this change in
glacial/interglacial amplitude across the MPT in the corre-
sponding benthic δ18O stack are much smaller. According to
our new definition of interglacials their appearance is in general
following the 41-kyr cycle of obliquity with various exceptions
throughout the last 2.6 Myr, suggesting a more complex phy-
sical mechanism triggering the glacial terminations.
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Fig. 1 Obliquity and climate dynamics during the Quaternary. a Obliquity64. Obliquity cycles with (without) associated new interglacials as defined in T17
are labelled with grey (gold) vertical bands for times when obliquity is above average (>23.3°). b Integrated climate change contained in the LR044 benthic
δ18O stack (brown line) plotted on an inverse y-axis.
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Results
Defining interglacials by land ice distribution. Despite the
notation that interglacials are typically characterized by little land
ice left in the northern hemisphere outside Greenland, T17
characterized interglacials (beyond the last 800 kyr that have been
covered in an in-depth analysis of various climate variables27) by
passing thresholds in the benthic LR04 δ18O stack, which has
been detrended before 1.5 Myr BP. Because benthic δ18O is
globally integrating all land ice changes, also on Greenland and in
Antarctica, and because it additionally contains a contribution
from deep ocean temperature change, the record has been
detrended in T17 in order to approximately correct for these
secondary effects. Here, we are in the position to define inter-
glacials as originally meant in T17 and as proposed as an objective
criterion for the last 800 kyr27: by changes in land ice volume in
North America and Eurasia (Fig. 2a). One needs to be aware that
both approaches heavily rely on the LR04 δ18O stack as a valid
representation of the true mean deep ocean δ18O. Thus, any bias
contained in it, e.g., due to the stacking method, spatial
heterogeneity, or undersampling will also be contained in both
T17 and our interpretation here.
We use, as in T17, two thresholds that need to be crossed by
the integrated land ice volume located in North America and
Eurasia to define an individual interglacial (Fig. 2a): the lower for
flagging a new interglacial, the upper for separating two
interglacials by a glacial period in-between. The vertical arrows
in Fig. 2a constrain our thresholds. They have been chosen to
replicate the detected new interglacials during the last 800 kyr27
and to maximize the number of obliquity cycles that contain the
onset of an interglacial earlier. We put little emphasis on the
relative timing of the new interglacials with respect to incoming
insolation because in full year insolation that also varies as a
function of latitude no maxima in insolation can be simply
defined. Thus, we only place the detected onsets of interglacials
into the corresponding obliquity cycles (markers above Fig. 2a).
See “Methods” for details.
For times after 1.6 Myr BP, our approach detects nearly the
same obliquity cycles as in T17 with the onsets of new
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Fig. 2 Defining interglacials by land ice volume. For easy identification of different obliquity cycles, every second cycle (minima-to-minima) is colour
coded in light blue bars. a Ice-volume change in North America and Eurasia used to define interglacials. Two thresholds (broken lines) need to get crossed
by the ice volume change to identify an individual interglacial. Vertical arrows mark where and how the thresholds have been constrained by our ice-
volume results. Obliquity minima are marked by vertical lines above (a). The onset of a new interglacial is marked (red circles), obliquity cycles without
new interglacials are colour coded with vertical bars (gold: already found in T17; pink: new in this study: dark grey: found in T17, but not confirmed in this
study). Marine isotope stages (MIS) in obliquity cycles without a new interglacial are labelled for skipped terminations (blue), or continued interglacials
(red). Blue diamonds show obliquity cycles with skipped terminations (and therefore no interglacials) during the last 2 Myr after a different study20. b Ice
volume in North America and Eurasia as function of latitude. Dark blue line shows the position of the 50% line, implying that half of the ice volume is
situated either north or south of it. Yellow (light blue) area shows the latitudinal position of 10–90% (25–75%) of the ice volume. c The fraction of change
in North America and Eurasia ice volume in relation to ice-volume changes globally. d Fraction of δ18O caused by ice-volume (sea level) changes. Seawater
δ18OSW is the ice-volume contribution to benthic δ18Ob as deconvolved earlier29. To guide the eye, two broken lines at 0.2 and 0.5 are included.
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interglacials. This includes 13 obliquity cycles without detected
interglacials, of which 12 are known as “skipped terminations,”
while one (including MIS 34) is a continued interglacial. The only
two exceptions are periods containing MIS 27 (~1 Myr BP) and
MIS 33 (~1.11 Myr BP). According to our definition, the
obliquity cycle around 1 Myr ago should be classified as
interglacial, but it fails (although very closely) to be so in T17.
Around 1.11 Myr BP, including MIS 33, the ice volume very
closely fails to meet the lower threshold to be defined as
interglacial. A slightly higher threshold leading to an interglacial
here, in agreement with T17, would then also classify the period
around MIS 13c (550 kyr BP) as interglacial, which would then
disagree with the previous classification27.
In order to minimize the number of obliquity cycles without
new interglacials, we had to lower the thresholds by which we
detect interglacials for earlier time periods in the Quaternary. This
change in the thresholds has a similar effect as the detrending of
δ18O prior to 1.5 Myr BP in T17 and can be interpreted as a
change in the background climate by, e.g., a long-term change in
CO2 concentration. However, there are still seven periods that
have been identified as interglacials in T17 and that do not show
up as interglacials when our criterion is applied (pink bars above
Fig. 2a). The obliquity cycle without a new interglacial around MIS
61 is the only one that is situated in the time window in which the
thresholds are changing. A slightly revised definition of these
changes in the thresholds, which would not influence any of the
interglacial classifications elsewhere, might lead to different results
here. If we choose alternative thresholds by which we define
interglacials, we increase the amount of obliquity cycles without
new interglacials. If we keep the thresholds constant throughout
the Quaternary at either the lower or higher levels detected for the
early or later Quaternary (Fig. 3b, c), 4–8 more obliquity cycles are
found without new interglacials.
Thus, when using the occurance of little land ice in the
northern hemisphere outside of Greenland as criteria for
interglacials, we find that not only during the last 1 Myr but
also from 2.6 to 1.6 Myr BP prior to the MPT the occurence of
new interglacials is rather irregular. In four periods before the
MPT (including the red-labelled MIS 55, 79, 93, 101, Fig. 4), the
ice volume was smaller than necessary to flag for a glacial, thus
marking those periods as extended, or continued, interglacials,
while four obliquity cycles with skipped terminations exist (ice
volume is too large to flag for a new interglacial, blue-labelled
MIS 61, 65, 71, 77 in Fig. 4). The Mid-Pleistocene between ~1
and 1.6 Myr BP (MIS 25–54) is a time window with regular
glacial/interglacial dynamics, consisting of 13 obliquity cycles
with a new interglacial each. The only exception is a period
between 1.2 and 1.1 Myr BP, in which the onset of two successive
interglacials is more than 100 kyr apart, caused by a skipped
termination (MIS 33) that follows on a continued interglacial
(MIS 34), a pattern also found around 2.1 Myr BP. The calculated
mean (±1σ) interglacial return times would be 60 (±22) kyr, 47
(±19) kyr, and 79 (±24) kyr for the pre-MPT, MPT, and post-
MPT, respectively. However, similarly as the average 100-kyr
periodicity in the post-MPT, that according to the idea of an
obliquity-driven system with skipped termination causing either
a ~80 or ~120 kyr return time of interglacials20, these mean
values here also suggest some misleading average periodicities. A
more helpful way seems to be to count the realized new
interglacials with respect to the potential new interglacials, with
the later being identical to the obliquity cycles. Following this idea
we find a new interglacial (or termination) realization fraction of
67% in the pre-MPT (16 out 24, MIS 55–101), of 88% in the MPT
(14 out of 16, MIS 27–53), and of 52% in the post-MPT (12 out
23, MIS 1–25). These fractions should not be mixed with the
fraction of obliquity cycles that include interglacials, since the
realization of new interglacials decreases not only for obliquity
cycles with a skipped termination but also for those with a
continued interglacial.
When our approach is based on the alternative thresholds
(Fig. 3b, c) we also find that the reason for an obliquity cycle to
miss a new interglacial might change. When based on the higher
threshold (Fig. 3c) we only find continued interglacials (red-
labelled MIS), but no skipped terminations (blue-labelled MIS)
for times earlier than MIS 33 around 1.15 Myr BP. Furthermore,
the result for MIS 34 largely depends on the chosen threshold.
The changes in ice volume between a glacial and an interglacial
period in the early Quaternary are rather small and definitions
based upon will always be prone to some arbitrariness.
Comparing with other definitions of interglacials. How robust
is our classification, especially when it differs from T17? In addi-
tion to the problematic case of MIS 61 discussed above, we find in
MIS 65 an ice volume that is very close to the chosen threshold.
However, MIS 65 (together with our new different finding in MIS
55) has already been detected as one of the obliquity cycles of the
last 2 Myr with a skipped termination20, although our analysis
detects MIS 55 as a continued interglacial. MIS 71, which is in our
classification clearly a skipped termination, has in T17 been clas-
sified as an uncertain interglacial; its caloric summer insolation was
just below the deglaciation threshold, while its effective energy was
just above it. Here, effective energy is peak caloric summer inso-
lation plus a term related to the elapsed time since the last full
deglaciation that accounts for the increasing ice-sheet instability. In
summary, from the seven differences in the detection of inter-
glacials in the Early Quaternary between T17 and this study, 2–3
might be questionable, leaving a residual of 4–5 robust differences
between both approaches.
The large number of obliquity cycles without new interglacials
prior to the MPT in our results, which did not show up in T17, can
be understood as follows: The deconvolution29 of benthic δ18O
showed that prior to the MPT only 20% of the long-term signal (41-
kyr running mean) has been caused by sea level or ice volume
(δ18Osw), rising to 50% during glacial maxima after the MPT, while
the dominant part of the change in benthic δ18O has been caused
by ocean temperature variations (Fig. 2d). Furthermore, the fraction
of ice volume changes based on North America and Eurasia was
falling to 50% during sustained long interglacials prior to the MPT,
while it stayed around 85% during the last 1 Myr (Fig. 2c). In other
words, prior to the MPT the relatively large anomalies in the LR04
benthic δ18O (from which a regular pattern of interglacials has been
detected in T17) transform into rather small anomalies in the
northern hemispheric ice-volume changes outside of Greenland.
Thus, the detrending of the LR04 δ18O applied in T17 is according
to our results too imprecise to correct as suggested for the effects of
deep ocean temperature and ice volume in Antarctica and
Greenland (Fig. 4b). By our definition, this turns the obliquity
cycles containing MIS 55, 61, 65, 71, 79, 93, and 101 into periods
without the onset of a new interglacial.
Skipped terminations identified previously for the last 2 Myr20
are by definition related to an obliquity cycle without an
interglacial. Therefore, they can be considered as a negative
interglacial detector (blue diamonds above Fig. 2a), and we find a
huge overlap between the different approaches, but not identical
results. This alternative analysis20 was based on benthic δ18O
records different from those used in T17, plotted on an age model
which is independent of orbital assumptions to avoid circular
reasoning and solely based on an own definition of terminations.
Thus, identified terminations (that subsequently led into a new
interglacial) or skipped terminations (that failed to lead to a new
interglacial) are in detail based on different criteria.
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In combination with our own effort to identify interglacials
based on the lack of northern hemisphere land ice outside of
Greenland, the different definitions of interglacials converge to a
unique solution across most of the last 1.6 Myr, but not across the
whole of the Quaternary. Between 1.6 and 2.6 Myr BP, the eight
(out of 24) obliquity cycles without the onset of a new interglacial
suggests that our classification—based on a deconvolution of the
LR04 δ18O stack with currently available information—does not
follow a simple rule. Instead, our findings suggest that across
various parts of the Quaternary terminations leading to new
interglacials are more irregularly placed and not necessarily
forced by obliquity changes as is often assumed. This conclusion
is conditional to the definition of an interglacial as having little ice
in the Northern Hemisphere outside Greenland. Thus, alternative
definitions of interglacials (as reviewed previously27) might be
necessary when applied to the early Quaternary, and potentially
also to earlier periods during the Neogene. Actually, our
definition of interglacials clearly illustrates a shift in the climate
system, from an interglacial-dominated period in the early
Quaternary to a glacial-dominated period in the late Quaternary,
a pattern which has originally been suggested from results of a
simplified vertically integrated sectorial ice model without
thermodynamics28. This becomes especially clear when we base
our findings on constant thresholds (e.g., Fig. 3c).
Discussions
Most recently, an intermediate complex Earth system model9 was
forced solely by known changes in the orbital parameters and
some assumptions on long-term changes in atmospheric CO2.
The authors were able to simulate climate dynamics across the
MPT confirming a dominant role of regolith removal on glacial
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Fig. 3 Alternative definitions of Quaternary interglacials based on land ice volume. Ice volume changes in North America and Eurasia are used to define
interglacials. Different sets of two thresholds (broken lines) need to get crossed by the ice-volume change to identify an individual interglacial, see text for
details. On top of each panel, obliquity minima (vertical lines) and the onset of each new interglacial are marked by circles, when the plotted ice volume is
crossing the lower of both thresholds after having been in glacial mode (above the higher of both thresholds). Marine isotope stages (MIS) in obliquity
cycles without a new interglacial are labelled for skipped terminations (blue), or continued interglacials (red). Yellow background colours mark the times
from the beginning of a new interglacial to the beginning of a new glacial. Colour bars above the panels mark obliquity cycles which are without a new
interglacial (gold: according to T17; pink/lightgreen/violet: additional interglacials according to this study; grey: contains interglacials according to T17, but
not confirmed in our definition). Numbers on the right summarize obliquity cycles without interglacials according to this colour code. a Standard definition
of thresholds, minimizing the number of obliquity cycles without interglacials (similar to Fig. 2a). Time-independent definition of thresholds using values
constrained (b) for the early or for (c) the late part of the Quaternary.
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dynamics, as proposed earlier8,15. The hypotheses of pressure-
melting point dynamics in North American land ice as obtained
from the ice-sheet distribution underlying this study here6 and of
regolith removal8,9,15 as an explanation for the MPT are not
mutually exclusive. They all point to ice-sheet dynamics as a
dominant process responsible for the lengthening of the glacial
cycles after the MPT, but they disagree in detail on how this is
achieved.
Climate change during the Quaternary consists not only of
glacial/interglacial transitions, but contains also a long-term trend
towards more positive values in the LR04 benthic δ18O stack4.
Decomposing the δ18O signal in temperature and ice volume
showed29 that this trend is mainly based on a change in ice
volume over the MPT rather than on a change in the tempera-
ture. This interpretation of little long-term change in the tem-
perature of glacial maxima across the MPT agrees with a
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reconstruction31 of ocean temperature and sea level, but disagrees
with another study32, which mainly found a decrease in the
glacial temperature across the MPT.
Proxy-based reconstructions of atmospheric CO2 concentra-
tions10–12 (Fig. 4d) with the exception of paleosols33 show a
transition towards lower glacial values with time. These findings
of stable interglacial CO2 across the MPT, but higher glacial CO2
before the MPT, are supported by snapshots of ice core data at
0.95 and 1.5 Myr BP from the Allan Hills blue ice area in Ant-
arctica34. The question remains if climate and/or CO2 is the
driver for this evolution, and therefore also potentially for the
MPT. Both model- and proxy-based reconstructions of CO2 that
extend beyond the 800-kyr covered by precise ice core CO2
records35–37 still lack the required precision of either CO2 or age
to resolve the most likely changes in the CO2 radiative forcing
across the MPT. CO2 reconstructions seemed to some degree to
depend on the underlying proxy12 (Fig. 4d). Simulated CO2
shows specifically small glacial/interglacial amplitudes of only
20–40 ppm early in the Quaternary9, not yet contained in indi-
vidual proxy-data sets or in the model-based synthesis of previous
approaches38,39. Simulation experiments40 have shown that gla-
cial/interglacial transitions during the late Quaternary also occur
when CO2 is kept fixed, although no lengthening of the glacial
cycles has then been observed, pointing towards a central role of a
carbon cycle feedback during the MPT.
Various studies agree that the rise in the glacial/interglacial
CO2 amplitude across the MPT was probably caused by a mixed
contribution from ocean circulation and enhanced iron fertilisa-
tion of the marine biota influencing the biological carbon
pumps9,41–43. However, in the reconstructions and the carbon
cycle modelling, the resulting changes in atmospheric CO2
appeared to act as feedbacks in response to changes in the phy-
sical climate system giving evidence that CO2 might contribute to
the extension of glacial cycles across the MPT, but might not be
its initial trigger. One exception, which suggests that CO2 might
be a trigger of the MPT, is a scenario in which the gradual CO2
decline of the Quaternary is caused by changes in volcanic out-
gassing9. However, tests within this study have shown that the
transition from 41 to 100-kyr cyclicity also appears without such
externally driven changes in CO2, therefore confirming the role of
CO2 as a feedback for the transition. This illustrates, that it is not
yet clear whether CO2 acted as trigger or feedback during the
glacial/interglacial evolution across the MPT.
As stated earlier, we understand our land ice distribution as a
model-based interpretation of the LR04 benthic δ18O stack.
Therefore, any uncertainties or inaccuracies in LR04 δ18O are also
contained in our results. The most recent update of the benthic
δ18O stack44 is for the Quaternary very similar to the LR04 δ18O
with the expection of a time period around 1.8–1.9 Myr BP
covering MIS 65–71. Here, amplitude and timing in both stacks
differ, potentially influencing our detection of interglacials during
three obliquity cycles, including MIS 65, and 71, for which we
found skipped terminations. Furthermore, certain processes in
the 3-D ice-sheet models need to be parametrized, adding another
layer of uncertainty to the results. From a systematic parameter
sensitivity study, it has been estimated29 that these model-based
uncertainties for the volume of the North American and Eurasian
ice sheets are on average 0.5 × 1015 m3 (1σ), which represents a
relative uncertainty of 2%.
Reconstruction-based evidence on ice-sheet extents for these
periods is rare. In a recent compilation45, the proxy- and model-
based knowledge on northern hemisphere land ice through the
Quaternary has been combined, highlighting also large gaps in
our knowledge on times earlier in the Quaternary. However, the
feature46 of a so far unexplained47 early Pleistocene glacial
advance in North America as far south as 38° N dated around
2.5 Myr BP is not yet met by our results and cannot be reconciled
with our present knowledge on climate change. Either we are
missing some details on radiative forcing that has been active in
the early Quaternary, or these data need to be reinterpreted, or ice
sheets models used for simulating these events have been too
simplistic. Note that in the context of our study, especially the
minimum in land ice volume related to interglacials is of interest,
which is even more weakly constrained by data than the max-
imum glacial extent. Furthermore, these findings46 suggest, that
the existence of regolith might have promoted the existence of
widespread North American ice sheets in the early Quaternary,
but the absence of similar glacial advances for the following 1 Myr
implies the absence of regolith thereafter. Those implications
make these empirical data46 difficult to reconcile with the regolith
removal hypothesis8.
Due to a lack of further independent data on the northern
hemispheric ice volume outside of Greenland, other results of the
model-based deconvolution29 of the LR04 δ18O stack might
alternatively be used to evaluate of our results. Thus, sea level and
δ18O of seawater (δ18Osw) of different approaches29,48,49 have
been compiled (Fig. 4c, d). Be aware that these are indirect
comparisons, since they say nothing about our target variable.
Furthermore, both variables will not give any information on the
detected relatively larger contribution of ice sheets in Antarctica
and Greenland to δ18Osw in the early compared to the late
Quaternary (Fig. 2c). The approach of sea-level reconstruction
based on Mediterranean data48 is independent of the LR04 δ18O
stack (Fig. 4c), and suggests interglacial sea level rise of up to 50
m relative to present in the Early Quaternary. This would imply a
shrinking of Antarctic ice sheets by more than 50%. To our
knowledge, this is not supported by independent evidences and it
puts the magnitude of sea-level change implied into question. The
stack49 of δ18Osw (Fig. 4d) consists of three cores from the North
Atlantic50,51, North Pacific49, and South Pacific31. These δ18Osw
records are calculated residuals once a Mg/Ca-based temperature
contribution has been substracted from the measured benthic
δ18O. Thus, the still existing huge variability and uncertainty in
the stack might indicate an undersampling for a truly global mean
δ18Osw and/or proxy-specific problems of this paleothermometer.
Once future efforts produce a stack of δ18Osw based on an order
of magnitude more sediment cores, such data might become
quantitatively of interest for an evaluation of our results.
The latitudinal integration of land ice volume distribution
across the Quaternary (Fig. 2b) clearly shows that northern
hemisphere land ice was mostly situated north of 65°N before the
MPT, and shifted southwards over time. In detail, at glacial
maximum, the latitude at which exactly half of the northern
hemisphere ice-volume change is north of it (called 50% line)
shifted from about 70°N before 1.8 Myr BP to 62°N at the Last
Glacial Maximum (LGM). The southern edge of the ice sheets
during peak glacial times—here represented by the 10%-line of
northern hemisphere ice-volume extent—moved from a variable
position between 55 and 63°N early in the Quaternary to a stable
50°N after the MPT. Combining these temporal patterns of land
ice distribution with orbital theory properly within the framework
of an energy budget scheme30,52 would give us a quantification of
the land ice albedo feedback (ΔR[LI])—one of the dominant
processes changing climate across the MPT. This information can
be used to evaluate how important the choice of the latitude at
which changes in orbital insolation are investigated in simplified
approaches19,24 actually is. Interestingly, it turns out that
although land ice before the MPT is mainly located north of
65°N, a precise knowledge of incoming solar energy (and there-
fore of the investigated latitude) is of secondary importance for
the calculation of land ice albedo feedbacks. In other words, for
the energy budget changes in land ice distribution and not
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incoming insolation (or orbital theory) are most important. This
implies that any reasonable latitude at which one finds northern
hemispheric land ice (e.g., 55–75°N) is a valid choice at which
insolation changes are analyzed justifying in retrospective the idea
for simple rules based on incoming insolation at 65°N.
Focusing the analysis of the Quaternary on the definition of
interglacials reduces the variety of climate change to a binary point
of view: a time period is either a glacial or an interglacial. The
comparison of our results of the definition of interglacials with
those obtained by T17 clearly showed that especially for times
earlier in the Quaternary ambiguity exists, and the outcome of any
such binary definition depends to a large extent on the chosen
thresholds, their uncertainties and the individual records involved
in the analysis, e.g., the benthic LR04 δ18O stack. This raises the
question if any such strict definition of interglacials (and an in-
depth analysis of their temporal pattern) is a meaningful exercise.
We propose, alternatively, that the gradual change of climate
should be more in the focus of further research. Normalized time
series of LR04 δ18O, the detrended δ18O used in T17 and of our
northern hemispheric ice volume outside of Greenland clearly
differ early in the Quaternary, while they converge to similar
dynamics later on (Fig. 5). Any binary index derived from any of
both variables contains only an extrapolation of the extremes, but
is due to the chosen (partly subjective) definitions prone to errors
or arbitrariness. Our conclusion that glacial/interglacial patterns
are different in detail when based on northern hemispheric land
ice outside of Greenland (this study) compared to an approach
based on LR04 δ18O (T17) would still hold, even when looking on
these gradual changes that avoid any thresholds.
Our analysis is based on only one model-based interpretation
of a benthic δ18O stack and might therefore in some details be
method dependent. However, our general finding, independent of
uncertainties and approaches, is the following: The glacial/inter-
glacial amplitudes of northern hemisphere land ice variability
outside of Greenland are much smaller prior to than after the
MPT. In the corresponding benthic δ18O stack this change
in glacial/interglacial amplitude across the MPT is much weaker,
since δ18O also contains contributions from deep ocean
temperature and ice volume in Antarctica and Greenland.
While regular obliquity-driven changes in benthic δ18O certainly
appear prior to the MPT, our findings challenge if minima in
benthic δ18O should be classified as interglacials in the traditional
sense used so far in the literature, since related amplitudes in
northern hemispheric land ice outside of Greenland are rather
small before the MPT. Consequently, our approach would lead to a
pattern of climate change during the Quaternary that might consist
of irregularly appearing interglacials both prior to and after the
MPT. While the latter has been proposed before by various studies
due to skipped terminations6,8,9,19,20,24, the proposed irregular
pattern prior to the MPT is, to our knowledge, new. Hence, the so-
called 41-kyr world prior to the MPT would not be a period with
regularly appearing glacial terminations (or new interglacials), but
be irregularly glaciated and deglaciated similar to the so-called 100-
kyr world after the MPT. In detail, the fraction of realized new
interglacials or terminations per obliquity cycle is 67%, 88% and
52% during the early, mid, and late Quaternary, respectively.
Alternatively, we have to accept that the definition of interglacials
might not be applicable straightforward to the whole Quaternary
since this conclusion is solely based on our applied definition of
interglacials—the absence of significant northern hemispheric land
ice outside of Greenland, which has been suggested27 to be suitable
for at least the last 800 kyr, and which agrees with other
approaches20,24 for the last 1.6 Myr. Following our definitions the
appearance of interglacials cleary shifts across the Quaternary,
from an interglacial-dominated to glacial-dominated climate.
Furthermore, any scheme that tries to define glacial and interglacial
periods depends not only on the chosen variable for classification,
but also largely on chosen thresholds and their uncertainities. Such
a binary view on climate introduces unnecessary ambiguity in the
analysis. We propose that less importance should be placed on
such classifications, and more efforts should be made in under-
standing and improving the underlying physical mechanisms
driving the climate changes as recorded in the geological data,
including at least carbon cycle feedbacks and changes in land ice.
Methods
Land ice distribution. We use land ice simulation output29 consisting of an
updated version of an earlier study6. While the initial study6 was restricted to land
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ice dynamics in the northern hemisphere, the updated study now also simulates
land ice in Antarctica. Within a modelling approach, the 3-D ice-sheet model
ANICE is applied to deconvolve the benthic δ18O stack LR044 in deep-ocean
temperature, global mean sea-level variations, and a representation of the four
main ice sheets in Antarctica, Greenland, Eurasia, and North America. In detail,
the modelling framework is in a forward mode forced to match the temporal
changes in reconstructed benthic δ18O by physically consistent contributions from
both deep ocean temperature change and land ice-volume (sea level) change. Areal
extent and ice thickness of ice sheets and ice shelves from the four individually
simulated ice masses in North America, Eurasia, Greenland, and Antarctica are
available at their simulated spatial resolution of 40 × 40 km2 (Greenland at 20 × 20
km2). Results29 cover the last 5 Myr, but we restrict our analysis to the Quaternary
as done in T17. Temporal resolution of the available spatially resolved land ice
changes is 2 kyr. For the detection of the onset of interglacials (see below), these
data are interpolated to 1 kyr. This rather coarse temporal resolution of the ice-
sheet model results, but also of the underlying benthic δ18O stack LR04, does not
allow us to test if a decrease in millennial-scale variability may have caused the
lengthening of ice ages across the MPT, as suggested previously26.
Finding interglacials based on land ice volume. The thresholds used to define
interglacials have been chosen in a way to find similar results for the last 800 kyr as
in a recent review paper27 and to minimize the amount of obliquity cycles without
interglacials earlier in time. Threshold 1 is the value below which the ice volume
needs to fall to detect an interglacial, threshold 2 is the value above which the ice
volume needs to rise to separate two interglacials from each other. If threshold 1 is
not crossed within an obliquity cycle, this cycle is called to contain a skipped
termination (in T17 also called interstadial). If threshold 2 is not crossed, the
obliquity cycles contains a continued interglacial. In our standard case, the con-
straints given by the data and our goal to minimize the amount of obliquity cycles
without interglacials lead to temporal changes in the chosen thresholds. For these,
we use as additional boundary condition, that the difference between both
thresholds stays constant over time. Being aware of uncertainties in the land ice
volume of North American and Eurasian ice sheets, which have been estimated to
0.5 × 1015 m3 (1σ) in the model-based deconvolution of the LR04 benthic δ18O
stack29, we choose threshold values only in full digits of ni × 1015 m3. In our
standard case n1 is 7 and n2 10 after 1650 kyr BP, and 3 and 6 before 1750 kyr BP,
respectively, with linear interpolation inbetween. In the alternative definitions, the
thresholds are kept constant over time, using either those values determined for the
early or late Quaternary (Fig. 3b, c). Different to T17 (in which the onset of any
interglacials needed to be closely related to a maxima in caloric summer half-year
insolation), we here classify only if an obliquity cycle, defined by two following
obliquity minima, contains the onset of a new interglacial irrespective of the precise
timing. This should reduce the importance of chronological uncertainties earlier in
the LR04 records on the outcome of our interglacial detection algorithm.
Radiative forcing of CO2. The radiative forcing of CO2 plotted in Fig. 4d is
calculated after53 ΔR½CO2  ¼ 5:35W m2  ln ðCO2=ð278 ppmÞÞ. The results of this
formulation for typical Quaternary CO2 values are close to those obtained with a
revised approach54, as has been shown elsewhere55.
Frequency analysis. Frequency analyses have been performed with Analyseries56.
Data availability
Data taken from the cited literature are available via the referenced sources: LR044
benthic δ18O (Figs. 1b, 4b, and 5); deconvolution of LR04 benthic δ18O into tempe-
rature and land ice components (Fig. 2d) and the temporal and spatial distribution of
land ice29; sea-level reconstruction29,48 (Fig. 4c); δ18Osw29,49 (Fig. 4d); CO2
reconstructions9–12,33,34,37,39,57–63 (Fig. 4e). All plotted data are available at Pangaea
with https://doi.org/10.1594/PANGAEA.914483.
Code availability
In addition to the frequency analysis performed with the software Analyseries56, and
Fortran routines64 used to calculate orbital parameters (obliquity, insolation), self-made
scripts have been used for data analysis, which can be obtained from the first author.
Received: 19 June 2019; Accepted: 18 September 2020;
References
1. Milankovitch, M. Kanon der Erdbestrahlung und seine Anwendung auf das
Eiszeitenproblem (Royal Serbian Academy, Belgrad, 1941).
2. Hays, J. D., Imbrie, J. & Shackleton, N. J. Variations in the Earth’s orbit:
pacemaker of the ice ages. Science 194, 1121–1132 (1976).
3. Imbrie, J. & Imbrie, J. Z. Modeling the climate response to orbital variations.
Science 207, 943–953 (1980).
4. Lisiecki, L. E. & Raymo, M. E. A Pliocene-Pleistocene stack of 57 globally
distributed benthic δ18O records. Paleoceanography 20, PA1003 (2005).
5. Lisiecki, L. E. & Raymo, M. E. Plio-Pleistocene climate evoluation: trends and
transitions in glacial cycle dynamics. Quat. Sci. Rev. 26, 56–89 (2007).
6. Bintanja, R. & van de Wal, R. S. W. North American ice-sheet dynamics and
the onset of the 100,000-year glacial cycles. Nature 454, 869–872 (2008).
7. Abe-Ouchi, A. et al. Insolation-driven 100,000-year glacial cycles and
hysteresis of ice-sheet volume. Nature 500, 190–193 (2013).
8. Clark, P. U. et al. The Middle Pleistocene Transition: characteristics,
mechanisms, and implications for long-term changes in atmospheric pCO2.
Quat. Sci. Rev. 25, 3150–3184 (2006).
9. Willeit, M., Ganopolski, A., Calov, R. & Brovkin, V. Mid-Pleistocene transition
in glacial cycles explained by declining CO2 and regolith removal. Sci. Adv. 5,
eaav7337 (2019).
10. Hönisch, B., Hemming, N. G., Archer, D., Siddall, M. & McManus, J. F.
Atmospheric carbon dioxide concentration across the Mid-Pleistocene
transition. Science 324, 1551–1554 (2009).
11. Chalk, T. B. et al. Causes of ice age intensification across the Mid-Pleistocene
Transition. Proc. Natl Acad. Sci. USA 114, 13114–13119 (2017).
12. Dyez, K. A., Hönisch, B. & Schmidt, G. A. Early Pleistocene obliquity-scale
pCO2 variability at ~1.5 Million Years Ago. Paleoceanogr. Paleoclimatol. 33,
1270–1291 (2018).
13. Pisias, N. G. & Moore-Jr., T. C. The evolution of Pleistocene climate: a time
series approach. Earth Planet. Sci. Lett. 52, 450–458 (1981).
14. Imbrie, J. et al. On the structure and origin of major glaciation cycles. 2. The
100,000-year cycle. Paleoceanography 8, 699–735 (1993).
15. Clark, P. U. & Pollard, D. Origin of the middle Pleistocene transition by ice
sheet erosion of regolith. Paleoceanography 13, 1–9 (1998).
16. Maslin, M. A. & Ridgwell, A. J. Mid-Pleistocene Revolution and the
‘eccentricity myth’. In Head, M. J. & Gibbard, P. L. (eds.) Early-Middle
Pleistocene transitions: the land-ocean evidence, vol. 247, 19–34 (Geological
Society, London, 2005).
17. Raymo, M. E., Lisiecki, L. E. & Nisancioglu, K. H. Plio-Pleistocene ice
volume, Antarctic climate, and the global δ18O record. Science 313, 492–495
(2006).
18. Schulz, K. G. & Zeebe, R. E. Pleistocene glacial terminations triggered by
synchronous change in Southern and Northern Hemisphere insolation: the
insolation canon hypothesis. Earth Planet. Sci. Lett. 249, 326–336 (2006).
19. Huybers, P. Early Pleistocene glacial cycles and the integrated summer
insolation forcing. Science 313, 508–511 (2006).
20. Huybers, P. Glacial variability over the last two million years: an extended
depth-derived agemodel, continuous obliquity pacing, and the Pleistocene
progression. Quat. Sci. Rev. 26, 37–55 (2007).
21. Huybers, P. Pleistocene glacial variability as a chaotic response to obliquity
forcing. Clim. Past 5, 481–488 (2009).
22. Ganopolski, A., Winkelmann, R. & Schellnhuber, H. J. Critical insolation-CO2
relation for diagnosing past and future glacial inception. Nature 529, 200–203
(2016).
23. Paillard, D. Quaternary glaciations: from observations to theories. Quat. Sci.
Rev. 107, 11–24 (2015).
24. Tzedakis, P. C., Crucifix, M., Mitsui, T. & Wolff, E. W. A simple rule to
determine which insolation cycles lead to interglacials. Nature 542, 427–432
(2017).
25. Verbitsky, M. Y., Crucifix, M. & Volobuev, D. M. A theory of Pleistocene
glacial rhythmicity. Earth Syst. Dyn. 9, 1025–1043 (2018).
26. Verbitsky, M. Y., Crucifix, M. & Volobuev, D. M. ESD Ideas: Propagation of
high-frequency forcing to ice age dynamics. Earth Syst. Dyn. 10, 257–260
(2019).
27. Past Interglacials Working Group of PAGES. Interglacials of the last 800,000
years. Rev. Geophys. 54, 162–219 (2016).
28. Berger, A., Li, X. S. & Loutre, M. F. Modelling northern hemisphere ice
volume over the last 3 Ma. Quat. Sci. Rev. 18, 1–11 (1999).
29. de Boer, B., Lourens, L. J. & van de Wal, R. S. Persistent 400,000-year
variability of Antarctic ice volume and the carbon cycle is revealed throughout
the Plio-Pleistocene. Nat. Commun. 5, 2999 (2014).
30. Köhler, P. et al. What caused Earth’s temperature variations during the last
800,000 years? Data-based evidences on radiative forcing and constraints on
climate sensitivity. Quat. Sci. Rev. 29, 129–145 (2010).
31. Elderfield, H. et al. Evolution of Ocean Temperature and Ice Volume Through
the Mid-Pleistocene Climate Transition. Science 337, 704–709 (2012).
32. Snyder, C. W. Evolution of global temperature over the past two million years.
Nature 538, 226–228 (2016).
33. Da, J., Zhang, Y. G., Li, G., Meng, X. & Ji, J. Low CO2 levels of the entire
Pleistocene epoch. Nat. Commun. 10, 4342 (2019).
34. Yan, Y. et al. Two-million-year-old snapshots of atmospheric gases from
Antarctic ice. Nature 574, 663–666 (2019).
NATURE COMMUNICATIONS | https://doi.org/10.1038/s41467-020-18897-5 ARTICLE
NATURE COMMUNICATIONS |         (2020) 11:5124 | https://doi.org/10.1038/s41467-020-18897-5 | www.nature.com/naturecommunications 9
35. Petit, J. R. et al. Climate and atmospheric history of the past 420,000 years
from the Vostok ice core, Antarctica. Nature 399, 429–436 (1999).
36. Siegenthaler, U. et al. Stable carbon cycle-climate relationship during the late
Pleistocene. Science 310, 1313–1317 (2005).
37. Bereiter, B. et al. Revision of the EPICA Dome C CO2 record from 800 to 600
kyr before present. Geophys. Res. Lett. 42, 542–549 (2015).
38. van de Wal, R. S. W., de Boer, B., Lourens, L., Köhler, P. & Bintanja, R.
Reconstruction of a continuous high-resolution CO2 record over the past 20
million years. Clim. Past 7, 1459–1469 (2011).
39. Stap, L. B. et al. Modeled influence of land ice and CO2 on polar amplification
and paleoclimate sensitivity during the past 5 million years. Paleoceanogr.
Paleoclimatol. 33, 381–394 (2018).
40. Ganopolski, A. & Brovkin, V. Simulation of climate, ice sheets and CO2
evolution during the last four glacial cycles with an Earth system model of
intermediate complexity. Clim. Past 13, 1695–1716 (2017).
41. Köhler, P. & Bintanja, R. The carbon cycle during the Mid Pleistocene
Transition: the Southern Ocean Decoupling Hypothesis. Clim. Past 4, 311–332
(2008).
42. Farmer, J. R. et al. Deep Atlantic Ocean carbon storage and the rise of
100,000-year glacial cycles. Nat. Geosci. 12, 355–360 (2019).
43. Hasenfratz, A. P. et al. The residence time of Southern Ocean surface waters
and the 100,000-year ice age cycle. Science 363, 1080–1084 (2019).
44. Ahn, S., Khider, D., Lisiecki, L. E. & Lawrence, C. E. A probabilistic Pliocene-
Pleistocene stack of benthic d18O using a profile hidden Markov model. Dyn.
Stat. Clim. Syst. 2, dzx002 (2017).
45. Batchelor, C. L. et al. The configuration of Northern Hemisphere ice sheets
through the Quaternary. Nat. Commun. 10, 3713 (2019).
46. Balco, G. & Rovey II, C. W. Absolute chronology for major Pleistocene
advances of the Laurentide Ice Sheet. Geology 38, 795–798 (2010).
47. Shakun, J. D. Modest global-scale cooling despite extensive early Pleistocene
ice sheets. Quat. Sci. Rev. 165, 25–30 (2017).
48. Rohling, E. J. et al. Sea-level and deep-sea-temperature variability over the past
5.3 million years. Nature 508, 477–482 (2014).
49. Ford, H. L. & Raymo, M. E. Regional and global signals in seawater δ18O
records across the mid-Pleistocene transition. Geology 48, 113–117
(2019).
50. Sosdian, S. & Rosenthal, Y. Deep-sea temperature and ice volume changes
across the Pliocene-Pleistocene climate transitions. Science 325, 306–310
(2009).
51. Ford, H. L., Sosdian, S. M., Rosenthal, Y. & Raymo, M. E. Gradual and abrupt
changes during the Mid-Pleistocene Transition. Quat. Sci. Rev. 148, 222–233
(2016).
52. Köhler, P., de Boer, B., von der Heydt, A. S., Stap, L. S. & van de Wal, R. S. W.
On the state dependency of equilibrium climate sensitivity during the last 5
million years. Clim. Past 11, 1801–1823 (2015).
53. Myhre, G., Highwood, E. J., Shine, K. P. & Stordal, F. New estimates of
radiative forcing due to well mixed greenhouse gases. Geophys. Res. Lett. 25,
2715–2718 (1998).
54. Etminan, M., Myhre, G., Highwood, E. J. & Shine, K. P. Radiative forcing of
carbon dioxide, methane, and nitrous oxide: A significant revision of the
methane radiative forcing. Geophys. Res. Lett. 43, 12614–12623 (2016).
55. Köhler, P., Nehrbass-Ahles, C., Schmitt, J., Stocker, T. F. & Fischer, H. A 156
kyr smoothed history of the atmospheric greenhouse gases CO2, CH4, and
N2O and their radiative forcing. Earth Syst. Sci. Data 9, 363–387 (2017).
56. Paillard, D., Labeyrie, L. & Yiou, P. Macintosh Program performs time-series
analysis. EOS Trans. 77, 379 (1996).
57. Bartoli, G., Hönisch, B. & Zeebe, R. E. Atmospheric CO2 decline during the
Pliocene intensification of Northern Hemisphere glaciations.
Paleoceanography 26, PA4213 (2011).
58. Seki, O. et al. Alkenone and boron-based Pliocene pCO2 records. Earth Planet.
Sci. Lett. 292, 201–211 (2010).
59. Foster, G. L. Seawater pH, pCO2 and [CO23 ] variations in the Caribbean Sea
over the last 130 kyr: a boron isotope and B/Ca study of planktic foraminifera.
Earth Planet. Sci. Lett. 271, 254–266 (2008).
60. Henehan, M. J. et al. Calibration of the boron isotope proxy in the planktonic
foraminifera Globigerinoides ruber for use in palaeo-CO2 reconstruction.
Earth Planet. Sci. Lett. 364, 111–122 (2013).
61. Martínez-Botí, M. A. et al. Plio-Pleistocene climate sensitivity evaluated using
high-resolution CO2 records. Nature 518, 49–54 (2015).
62. Zhang, Y. G., Pagani, M., Liu, Z., Bohaty, S. M. & DeConto, R. A 40-million-
year history of atmospheric CO2. Philos. Trans. R. Soc. A: Math. Phys. Eng. Sci.
371, 20130096 (2013).
63. Badger, M. P. S. et al. Insensitivity of alkenone carbon isotopes to atmospheric
CO2 at low to moderate CO2 levels. Clim. Past 15, 539–554 (2019).
64. Laskar, J. et al. A long term numerical solution for the insolation quantities of
the Earth. Astron. Astrophys. 428, 261–285 (2004).
Acknowledgements
This paper contributes to PACES-II, the Helmholtz Research Programme of AWI, and to
Netherlands Earth System Science Center programme Reading the past to project the
future, funded by the Netherlands Organisation for Scientific Research (NWO). We
thank Andrea Bleyer for language editing.
Author contributions
P.K. designed research, analyzed data, prepared figures and led the writing of the draft.
R.S.W.v.d.W. contributed with discussions and insights on the land ice distribution.
Funding
Open Access funding enabled and organized by Projekt DEAL.
Competing interests
The authors declare no competing interests.
Additional information
Supplementary information is available for this paper at https://doi.org/10.1038/s41467-
020-18897-5.
Correspondence and requests for materials should be addressed to P.K.
Peer review information Nature Communications thanks Tom Chalk, Peter Ditlevsen
and Polychronis Tzedakis for their contribution to the peer review of this work. Peer
reviewer reports are available.
Reprints and permission information is available at http://www.nature.com/reprints
Publisher’s note Springer Nature remains neutral with regard to jurisdictional claims in
published maps and institutional affiliations.
Open Access This article is licensed under a Creative Commons
Attribution 4.0 International License, which permits use, sharing,
adaptation, distribution and reproduction in any medium or format, as long as you give
appropriate credit to the original author(s) and the source, provide a link to the Creative
Commons license, and indicate if changes were made. The images or other third party
material in this article are included in the article’s Creative Commons license, unless
indicated otherwise in a credit line to the material. If material is not included in the
article’s Creative Commons license and your intended use is not permitted by statutory
regulation or exceeds the permitted use, you will need to obtain permission directly from
the copyright holder. To view a copy of this license, visit http://creativecommons.org/
licenses/by/4.0/.
© The Author(s) 2020
ARTICLE NATURE COMMUNICATIONS | https://doi.org/10.1038/s41467-020-18897-5
10 NATURE COMMUNICATIONS |         (2020) 11:5124 | https://doi.org/10.1038/s41467-020-18897-5 | www.nature.com/naturecommunications
